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Abstract.—Birds are known to modify their foraging behavior in relation to food availability. Once understood, these relationships
can be used to draw inferences about relative food availability and habitat quality. We measured foraging behavior of Surf Scoters
(Melanitta perspicillata) and White-winged Scoters (M. fusca) feeding on clams during winter in the Strait of Georgia, British Columbia,
to evaluate the relative quality of the foraging landscape for wintering scoters. Because clam biomass does not increase appreciably
during winter through growth or recruitment, scoters are faced with a depleting and potentially exhaustible food supply. Along with
this temporal variation, clam densities vary widely by site. We considered the influence of variation in clam density on scoter foraging
behavior, along with other factors known to affect foraging in other sea duck species, such as season, sex, age, and environmental
attributes. Clam-capture success (clams captured per dive) and foraging effort (minutes underwater per hour) of Surf Scoters were
not related to variation in clam density. Clam-capture success of White-winged Scoters was unrelated to clam density; however, their
foraging effort was negatively related to clam density, though varying by only 4 min across the range of observed clam densities. For both
species, foraging behavior was generally more strongly related to other factors, especially seasonal and age effects. These results suggest
that (1) observed variation in clam density was relatively minor from the perspective of foraging scoters and (2) our study site constituted
high-quality winter habitat in which scoters were not constrained by food availability. Received 28 June 2006, accepted 30 March 2007.

Key words: clam density, food availability, Melanitta fusca, M. perspicillata, scoter foraging behavior, sea duck, Surf Scoter, White-winged
Scoter.

Comportamiento de Forrajeo de Melanitta perspicillata y M. fusca con Relación a la Densidad de Almejas:
Inferencias sobre la Disponibilidad de Alimento y la Calidad del Hábitat

Resumen.—Las aves son conocidas por modificar su comportamiento de forrajeo en función de la disponibilidad de alimento.
Una vez entendidas, estas relaciones pueden ser utilizadas para realizar inferencias sobre la disponibilidad relativa de alimento y la
calidad del hábitat. Medimos el comportamiento de forrajeo de Melanitta perspicillata y M. fusca, dos especies que se alimentan de
almejas en el estrecho de Georgia, British Columbia durante el invierno, para evaluar la calidad relativa del paisaje de forrajeo para
estos anátidos marinos durante el invierno. Debido a que la biomasa de almejas aparentemente no aumenta mediante crecimiento
ni reclutamiento durante el invierno, estas aves enfrentan una disminución y potencialmente un agotamiento de la disponibilidad de
alimento. Además de esta variabilidad temporal, la densidad de almejas también vaŕıa considerablemente entre sitios. Consideramos la
influencia de la variación en la densidad de almejas sobre el comportamiento de forrajeo de las dos especies estudiadas, además de otros
factores conocidos por afectar el forrajeo de otras especies de anátidos marinos, como la época, el sexo, la edad y atributos ambientales.
El éxito de captura de almejas (almejas capturadas por inmersión) y el esfuerzo de forrajeo (minutos de inmersión por hora) por parte
de M. perspicillata no se relacionaron con la variación en la densidad de almejas. El éxito de captura de almejas por parte de M. fusca
no se relacionó con la densidad de almejas, pero su esfuerzo de forrajeo estuvo relacionado negativamente con la densidad de almejas,
a pesar de que éste vaŕıo en sólo 4 minutos en el rango de densidades de almejas observado. Para las dos especies, el comportamiento
de forrajeo en general se correlacionó más fuertemente con otros factores, especialmente con efectos estacionales y de la edad. Estos
resultados sugieren que (1) la variación observada en la densidad de almejas fue relativamente baja desde la perspectiva de forrajeo de
las especies estudiadas y (2) nuestro sitio de estudio constituyó un hábitat de invierno de alta calidad en el cual M. perspicillata y M.
fusca no se encontraron restringidos por disponibilidad de alimento.
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Acquisition of energy and nutrition has direct effects on the
reproductive success and survival of animals (Lemon 1991). Be-
cause of these fitness consequences, animals typically select food
sources and employ foraging behaviors that optimize energy intake
(Pyke 1984, Stephens and Krebs 1986). When faced with variation
in food availability, animals tend to modify their foraging behavior.
For example, when food becomes scarce, individuals often increase
their overall foraging effort to maintain sufficient levels of energy
intake (Hutto 1990, McKnight 1998, Cope 2003). Hence, foraging
behavior often reflects food availability as perceived by the foraging
animal, and an understanding of this relationship can be used to
evaluate general habitat quality (Hutto 1990).

Waterfowl, like other birds, adjust their foraging behavior in
response to variation in food abundance or quality. Many species
increase their foraging effort, measured as the amount of time
spent foraging, in response to declining food availability (Hill
and Ellis 1984, Percival and Evans 1997). Similarly, waterfowl
may adjust specific foraging behaviors, independent of time spent
foraging, to cope with variation in food supplies. For example,
when faced with declining food availability, dabbling ducks in-
creased their surface feeding rate or swam faster while feeding
to maintain adequate levels of food intake (McKnight 1998). For
diving ducks, changes in foraging behaviors are often manifested
through changes in dive behavior. During a foraging dive, variation
in prey availability directly alters the amount of time that diving
ducks spend searching and traveling underwater (Tome 1988). In
areas with high prey availability, dive duration is often shorter
because of the greater likelihood of encounting prey (Draulans
1982).

Surf Scoters (Melanitta perspicillata) and White-winged
Scoters (M. fusca) forage exclusively by diving (Brown and
Fredrickson 1997, Savard et al. 1998). During winter, diets of
scoters are composed predominantly of bivalves (Vermeer 1981,
Lewis et al. 2007). (Hereafter, when we use the term “scoters,”
we are referring to both species, unless stated otherwise.) Dive
behavior of bivalve predators is strongly influenced by bivalve
density (Richman and Lovvorn 2003), because most bivalve species
are sessile and unable to actively escape predation. At low bivalve
densities, scoters are predicted to increase their foraging effort,
expressed as amount of time spent underwater, to compensate
for the lower likelihood of encountering and capturing a bivalve.
At some minimal bivalve density, scoters likely leave a foraging
site rather than incur the energetic costs of further increases
in foraging effort (Lovvorn and Gillingham 1996). Conversely,
at high bivalve densities, scoters are predicted to decrease their
foraging effort because of a higher likelihood of bivalve capture.
Theoretically, foraging effort could decrease until search time is
completely minimized, at which point foraging effort remains
constant regardless of further increases in bivalve density. There-
fore, an understanding of variation in scoter foraging effort and
probability of bivalve capture will provide a strong indication of
bivalve availability and general habitat quality.

Our study occurred in the Strait of Georgia, British Columbia,
in areas composed of soft-bottom intertidal flats. Within the Strait
of Georgia, wintering scoters are potentially exposed to high
degrees of variation in the density of intertidal clams, their primary
prey in soft-bottom habitats (Bourne 1984, Lewis et al. 2007).
Temporal variation arises via the predation and mortality of clam

populations that are not appreciably renewed by growth or recruit-
ment during winter (Williams 1980, Bourne 1982), thus presenting
wintering scoters with a dwindling and potentially exhaustible food
supply. Similarly, scoters encounter considerable spatial variation
in clam density, resulting from soft-bottom intertidal flats that
differ widely in basic abiotic characteristics (Bourne 1982, Žydelis
et al. 2006). To assess food availability and general habitat quality
from the perspective of foraging scoters, we measured foraging
effort and clam-capture success of wintering scoters and related
these variables to spatial and temporal variation in clam density.

METHODS

Study area.—Our study area is located in the Strait of Georgia
on the east coast of Vancouver Island, British Columbia, and en-
compasses the marine waters of Baynes Sound (49.5◦N, 124.8◦W).
Baynes Sound is a 40-km coastal channel fringed with numerous
shallow bays; the channel floor is largely composed of gravel and
sand sediments (Dawe et al. 1998). The area produces significant
amounts of both wild and cultured bivalves and is an important
wintering area for waterfowl and other marine birds (Dawe et al.
1998). Surveys in Baynes Sound during the winters of 2002–2003
and 2003–2004 indicated a mean (± SE) of approximately 6,500 ±
250 scoters (Surf and White-winged scoters; W. S. Boyd unpubl.
data).

Clam sampling.—Data were collected from six sample-plots
(hereafter “plots”) established throughout Baynes Sound in the
winter of 2003–2004. Plots were chosen to represent a range of
clam densities, as indicated by preliminary sampling, and were
known to be used by scoters, thereby permitting quantification
of foraging behaviors within the plots. To determine intertidal
clam density, we sampled these plots twice, timed to coincide with
scoter arrival in and departure from Baynes Sound: in the fall from
23 September to 17 October 2003, and in spring from 5 to 12
April 2004. Each plot measured 150 × 150 m and was contained
within an intertidal area bounded by the 1.0-m and 3.5-m tidal
heights, encompassing the tidal height range of the dominant
intertidal clam species in Baynes Sound (Gillespie et al. 1999,
2001). Seventy-two quadrats, measuring 0.5 × 0.5 m, were sampled
per plot in both fall and spring, which is consistent with the
recommended sampling rate of 30 quadrats per hectare (Gillespie
and Kronlund 1999), and no fall quadrat locations were resampled
in the spring (detailed clam-sampling methods are described in
Lewis et al. 2007). Each quadrat was excavated to a depth of
15 cm, below which clams were considered inaccessible to foraging
scoters (Lovvorn 1989, Richman and Lovvorn 2003). All excavated
substrate was passed through a 4-mm sieve. Retained clams were
counted, and their shells were measured to 5-mm length classes.
Sieve size was selected to retain the lengths of bivalves consumed
by scoters; of entire bivalves found in the esophagi of collected
scoters, as well as in the esophagi of similarly sized Canvasbacks
(Aythya valisineria), Spectacled Eiders (Somateria fischeri), and
Common Eiders (S. mollissima), few if any bivalves <4 mm in
length were consumed (Bourne 1984, Lovvorn 1989, Nehls and
Ketzenberg 2002, Lovvorn et al. 2003).

Some of the Baynes Sound intertidal area is used by the shell-
fish aquaculture industry for commercial production of Manila
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Clams (Venerupis philippinarum). In some locations, large nets
are placed atop portions of intertidal flats to protect cultured clam
stocks from predation. Four of our six plots contained nets within
their boundaries; for these four plots, we measured the total area
that was covered by net. Because scoters are effectively excluded
from preying on clams underneath these nets, our calculations
of overall clam density for each plot account for only the net-
free portions of the plot. During clam sampling, when randomly
selected quadrat locations overlapped nets, we estimated the
portion of the quadrat covered by net and sampled only net-free
portions of the quadrat.

Foraging effort.—To estimate foraging effort, defined as the
amount of time spent underwater, dive behavior of scoters was
monitored via radiotelemetry during winter 2003–2004. Scoters
were captured and affixed with radiotransmitters during Decem-
ber of 2002 and 2003, following the procedures described in
Lewis et al. (2005). Because radiotransmitter batteries lasted 18
months and some radiotagged scoters returned to Baynes Sound
for consecutive winters, we were able to monitor some individuals
captured in December 2002 during winter 2003–2004. The total
number of radiotagged scoters present in Baynes Sound during
winter 2003–2004 included 42 Surf Scoters (28 males, 14 females)
and 56 White-winged Scoters (34 males, 22 females).

Because radio signals disappeared when radiotagged scoters
dove and resumed when they resurfaced, we documented both the
number and duration of dives (Custer et al. 1996). Diving was mon-
itored from 12 November to 16 March, concluding in March with
the start of Pacific Herring (Clupea pallasii) spawning, at which
point scoters abandoned their typical habitats and food sources in
Baynes Sound. Diving was monitored only during diurnal hours
because of the rarity of nocturnal foraging by scoters in our study
site (Lewis et al. 2005). We used 1-h observation blocks to record
the number of dives and length of each individual dive (±1 s).
On the basis of preliminary sampling, observation blocks of 1-h
duration were chosen because of their high likelihood (>99%) of
detecting diving. Radio signals were rarely lost during diving obser-
vations ( <1% of observations), and only complete 1-h observations
were included in analyses. We used a maximum of one randomly
selected diving observation per individual per day in analyses.

To ensure a spatial and temporal connection between diving
observations of radiotagged scoters and clam density of plots, we
determined locations of radiotagged scoters via biangulation. Bian-
gulated scoter locations and telemetry accuracy (mean [± SE] 90%
error polygon = 3.0 ± 0.2 ha) were determined following methods
described in Lewis et al. (2005). We used ARCVIEW, version 3.2
(ESRI, Redlands, California; ESRI 2004), geographic information
system (GIS) software to project scoter point locations and plots
on a digital 1:20000 TRIM base-map of the British Columbia coast
(British Columbia Ministry of Sustainable Resource Management,
Victoria). A buffer was created around each plot, radiating 750 m
from the center point of each plot, which exceeded the size of
average location error. For each diving observation, inclusion in
our foraging-effort analyses required the following temporal and
spatial criteria: (1) an individual’s point location was collected on
the same day as that individual’s diving observation, and (2) the
point location was located within a 750-m plot buffer. We assume
that foraging behaviors of scoters located within the buffer can be
relevantly related to clam density within the plot.

Clam-capture success.—Clam-capture success, defined as the
proportion of dives in which a clam was captured, was monitored
once per week at each plot from 1 November 2003 to 5 March
2004, unless the plot was unoccupied by scoters during observation
attempts. When feeding on bivalves, particularly larger size classes,
scoters bring captured bivalves to the surface for manipulation
and ingestion (Ydenberg 1988). The area within the plot, which
was delineated with buoys on the offshore corners, was continually
scanned for surfacing scoters. As a scoter surfaced after a foraging
dive, the presence or absence of a clam in the bill was recorded, and
then the observer recommenced scanning until the next surfacing
scoter was observed. Only scoters for which the surfacing event
was distinctly observed were selected for observation, minimizing
potential bias caused by scoters that stayed longer at the surface
to manipulate captured bivalves or differential handling times
among bivalve species. Unmarked scoters (i.e., not radiotagged)
were used for these observations, preventing the observer from
distinguishing between individuals. Although scoters could move
freely into and out of the plots, most scoters present in the plot
were likely sampled because (1) the entire plot was used for
observations; (2) the duration of observations (mean = 59 min)
was long enough that each scoter surfaced numerous times; and
(3) scoters typically occurred in the plots only for feeding, moving
slightly offshore from plots for resting (T. L. Lewis pers. obs.).

Observations of clam-capture success were restricted to the
core daylight hours of 0800–1600, because scoters rarely foraged
at night (Lewis et al. 2005) and sufficient light was required to
observe clam capture. Sampling effort per plot was approximately
evenly distributed throughout these hours. From mid-October to
late February in our study site, the lowest daily low tide occurs
exclusively at night. Therefore, diurnal observations were all con-
ducted with a substantially flooded plot. Only observation sessions
with a minimum of five individuals present in the plot (mean: 29.7
scoters, range: 5–120 scoters) and 30 recorded surfacing events
(mean: 113.0 surfacing events, range: 30–410 surfacing events) per
scoter species were included in analyses. Clam-capture success
was summarized for each observation period for each scoter
species as the proportion of total dives that were successful. Thus,
observation periods served as our unit of measurement for data
analyses.

Estimates of clam-capture success depend on the assumption
that captured clams are consumed largely at the surface. Typically,
diving ducks swallow large bivalves at the surface and small bi-
valves underwater (de Leeuw and van Eerden 1992). Large bivalves
require extended handling times to properly orient the bivalve for
swallowing and are handled at the surface to avoid extra costs of
diving (Ydenberg 1988, de Leeuw and van Eerden 1992). Lewis et al.
(2007) found that our Baynes Sound plots were dominated by large
clams (74% were >25 mm) and that overwinter declines in clam
abundance, as caused by scoter predation, were concentrated in the
larger size classes, primarily 25–45 mm. Accordingly, Lewis et al.
(2007) concluded that most of the clam consumption by scoters
occurred at the water’s surface. We are therefore comfortable with
the assumption that our surface observations provide a reliable
measure of clam-capture success. Furthermore, because length
distributions of clams were similar across plots, clam-capture suc-
cess provides a comparable index across plots and clam densities,
even if some portion of consumption occurred underwater.
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Relating foraging behaviors to clam density.—For diving ducks
feeding on benthic prey, the rate of prey intake often follows a type
II functional response (Lovvorn and Gillingham 1996, Richman
and Lovvorn 2003), whereby intake rate increases with increasing
prey density up to an asymptote, after which intake rate becomes
limited by handling time and cannot increase further. Accordingly,
our observed lack of correlation between clam density and clam-
capture success of both scoter species, as well as foraging effort
of Surf Scoters, could result from clam-density values in the
asymptote range of a type II functional response curve (Poulton
et al. 2002). Clam densities, however, were more likely in the
increasing portion of the functional response curve, as indicated
by clam-capture-success values that ranged from 30% to 50%.
This inability of scoters to consistently capture clams suggests
that scoters were not limited strictly by handling time, but rather
by a combination of both search and handling times. Richman
and Lovvorn (2003) documented increasing intake rates of captive
White-winged Scoters for densities ≤1,600 clams m−2 for small
clams, and ≤400 clams m−2 for large clams. The average densities
of our plots did not exceed 180 clams m−2, and only two individual
quadrats from our plots (out of >700 quadrats sampled) had
densities >1,000 clams m−2.

Assuming that clam densities were in the increasing portion of
a type II functional response curve, the general lack of correlation
between clam density and scoter foraging behaviors suggests that
the range of clam-density variation in Baynes Sound (82–180 clams
m−2) was relatively insignificant from the perspective of scoters.
This range of clam-density variation was apparently large enough
to affect only the foraging effort of White-winged Scoters. At the
highest clam densities, White-winged Scoters spent ∼16.8% of
their time underwater, versus 23.6% at the lowest densities. Al-
though we expected changes in foraging effort to be accompanied
by changes in clam-capture success, the <7% range of variation in
time spent underwater by White-winged Scoters may have been
too small to detect parallel changes in clam-capture success. Also,
dive duration of White-winged Scoters was not related to clam
density (Lewis 2005), which indicates that they did not increase the
length of their dives at low clam densities to maintain a heightened
clam-capture success.

In addition to density, quality and size structure of prey
populations may also affect foraging behavior of predators. For
diving ducks, which often select certain sizes of bivalves (de Leeuw
and van Eerden 1992, Hamilton et al. 1999), the relative foraging
value of a bivalve population varies strongly by size (age) structure
(Richman and Lovvorn 2003). Similarly, numerous aspects of
bivalve quality that are likely important to diving ducks—including
energy density, shell-to-flesh ratio, burial depth, shell impact resis-
tance, and digestibility—may vary both by size and species (Zwarts
and Wanink 1993, Richman and Lovvorn 2003). For example, large
clams often have considerably lower shell-to-flesh ratios (Gillespie
et al. 1999), which increases the energetic content of the clam
(Zwarts and Wanink 1993), yet require more time for handling,
increasing the energetic costs of foraging. Winter diets of both
Surf and White-winged scoters in Baynes Sound are dominated
by two clam species, Manila and Varnish clams (Lewis et al.
2007). Although not quantified in our study, the value to foraging
scoters of similarly sized Manila and Varnish clams may differ,
because Varnish Clams generally have thinner shells and less flesh

and reside deeper in the sediment (Gillespie et al. 1999, 2001).
Size-class distributions in Baynes Sound, however, were relatively
similar for Manila and Varnish clams, as well as among plots (Lewis
et al. 2007), minimizing the effects of size class on variation in
scoter foraging behavior.

Species, age, and season effects.—The relationship between
foraging effort and variation in clam density differed by scoter
species, with only White-winged Scoters demonstrating a de-
tectable relationship. Foraging effort should reflect not only the
quality of the foraging environment but also daily energetic re-
quirements. Of four sea duck species, Goudie and Ankney (1986)
found that the smaller species spent more time feeding and
consumed prey of higher energy density to compensate for their
greater energetic demands per unit body mass. These smaller
sea ducks, however, consumed predominantly small prey, such
as amphipods and isopods, whereas the larger sea duck species
consumed prey of greater biomass, such as mussels and urchins.
When consuming foods of similar size and energetic value, indi-
viduals of larger species must consume more biomass per day than
smaller species (Goudie and Ankney 1986) and would be expected
to spend more time feeding. White-winged Scoters (males 1,500 g;
females 1,200 g) are larger than Surf Scoters (males 1,000 g; females
900 g), and the diets of both species in Baynes Sound are similar
(Lewis et al. 2007). Although White-winged Scoters consume,
on average, slightly larger clams, size-class preferences are not
pronounced (Bourne 1984). On the basis of such similar diets,
larger-bodied White-winged Scoters should consume more food
and spend more time feeding. Consequently, the greater energetic
and time demands on White-winged Scoters may make them more
sensitive than Surf Scoters to variation in clam density, resulting in
their slightly negative correlation between foraging effort and clam
density.

In addition to species differences, age-related differences in
foraging effort were also evident in White-winged Scoters. Adult
White-winged Scoters spent more time underwater than HY
individuals. This was unexpected, given that HY birds are often
less-adept foragers, because of their inexperience, and typically
exert greater foraging effort and lower foraging efficiency (Heise
and Moore 2003). Adult White-winged Scoters, however, typically
weigh more than juveniles and, thus, may have to spend more
time foraging to sustain their greater body mass. Also, HY White-
winged Scoters do not breed during the subsequent summer
(Kehoe et al. 1989) and may have less need to acquire fat stores,
via increased foraging efforts, for subsequent migration and repro-
duction. Age-related differences were not detected in Surf Scoters,
though we sampled only two HY individuals.

With respect to date, the amount of time spent underwater by
Surf Scoters decreased by 4% from mid-November to mid-winter,
and then increased by 10% to mid-March. This pattern is the
opposite that observed in Surf Scoters wintering at the Queen
Charlotte Islands (53◦N), as well as in other sea duck species win-
tering at northern latitudes, in which time spent feeding increased
during mid-winter (Guillemette 1998, Goudie 1999, Fischer and
Griffin 2000, Systad et al. 2000). Because many sea duck species
are not believed to forage nocturnally (Nilsson 1970, McNeil
et al. 1992), an increased foraging effort during mid-winter likely
compensates for the decreased amount of feeding time. During the
shortest days of winter at 70◦N, Common Eiders and Long-tailed
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Ducks (Clangula hyemalis) spent at least twice as much
time underwater per hour as they did in spring (Systad
et al. 2000). Similarly, Harlequin Ducks (Histrionicus histrionicus)
wintering at 52◦N spent a greater proportion of time underwater
during mid-winter than during early or late winter (Fischer and
Griffin 2000). Surf Scoters in Baynes Sound (49◦N) rarely foraged
at night (Lewis et al. 2005). Thus, the observed minimization of
foraging effort during mid-winter suggests that Surf Scoters in
Baynes Sound were not constrained by day length, sufficiently
meeting their energetic requirements during the short days of
mid-winter.

As compared with Surf Scoters, the amount of time spent
underwater by White-winged Scoters was largely unrelated to date.
Because of the negative correlation between foraging effort and
clam density, White-winged Scoters may have been restricted in
their ability to decrease time spent underwater during mid-winter,
when day length is shortest. White-winged Scoters, however, did
not increase their foraging effort during mid-winter, as has been
reported in studies of other sea ducks (Guillemette 1998, Fischer
and Griffin 2000, Systad et al. 2000). White-winged Scoters in
Baynes Sound, like Surf Scoters, were apparently not constrained
by day length.

Our collective results indicate that Baynes Sound constituted
high-quality foraging habitat for wintering scoters, given their
lack of strong behavioral responses to clam density variation and
relatively low overall foraging effort. The recent invasion of the
Varnish Clam to Baynes Sound, within the last 15 years, has
likely increased clam densities significantly above historical levels
(Gillespie et al. 1999, 2001), enhancing overall habitat quality for
wintering scoters. Also, recent activities of the shellfish aquacul-
ture industry in Baynes Sound may have further increased clam
densities, mainly via the spread and spawning of seeded Manila
Clams. For these reasons, Baynes Sound likely provides important,
high-quality habitat for wintering scoters, as further evidenced
by the large numbers of scoters (∼6,500 scoters) wintering in the
area and the strong distributional relationship between scoters and
clams (Žydelis et al. 2006, D. Esler unpubl. data).
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Nocturnal foraging behavior of wintering Surf Scoters and
White-winged Scoters. Condor 107:637–647.

Littell, R. C., G. A. Milliken, W. W. Stroup, and R. D.
Wolfinger. 2000. SAS System for Mixed Models, 4th ed. SAS
Institute, Cary, North Carolina.

Lovvorn, J. R. 1989. Distributional responses of Canvasback
ducks to weather and habitat change. Journal of Applied Ecol-
ogy 26:113–130.

Lovvorn, J. R., and M. P. Gillingham. 1996. Food dispersion
and foraging energetics: A mechanistic synthesis for field stud-
ies of avian benthivores. Ecology 77:435–451.

Lovvorn, J. R., S. E. Richman, J. M. Grebmeier, and L. W.
Cooper. 2003. Diet and body condition of Spectacled Eiders
wintering in pack ice of the Bering Sea. Polar Biology 26:259–
267.

McKnight, S. K. 1998. Effects of food abundance and environ-
mental parameters on foraging behavior of Gadwalls and Amer-
ican Coots in winter. Canadian Journal of Zoology 76:1993–
1998.

McNeil, R., P. Drapeau, and J. D. Goss-Custard. 1992. The
occurrence and adaptive significance of nocturnal habits in
waterfowl. Biological Reviews 67:381–419.

Nehls, G., and C. Ketzenberg. 2002. Do Common Eiders
Somateria mollissima exhaust their food resources? A study on
natural mussel Mytilus edulis beds in the Wadden Sea. Danish
Review of Game Biology 16:47–61.

Nilsson, L. 1970. Food-seeking activity of south Swedish diving
ducks in the non-breeding season. Oikos 21:145 –154.

Percival, S. M., and P. R. Evans. 1997. Brent Geese Branta
bernicla and Zostera; Factors affecting the exploitation of a
seasonally declining food resource. Ibis 139:121–128.

Poulton, V. K., J. R. Lovvorn, and J. Y. Takekawa. 2002. Clam
density and scaup feeding behavior in San Pablo Bay, California.
Condor 104:518–527.

Pyke, G. H. 1984. Optimal foraging theory: A critical review.
Annual Review of Ecology and Systematics 15:523–575.

Richman, S. E., and J. R. Lovvorn. 2003. Effects of clam species
dominance on nutrient and energy acquisition by Spectacled
Eiders in the Bering Sea. Marine Ecology Progress Series
261:283–297.

Savard, J.-P. L., D. Bordage, and A. Reed. 1998. Surf Scoter
(Melanitta perspicillata). In The Birds of North America, no.
363 (A. Poole and F. Gill, Eds.). Academy of Natural Sciences,
Philadelphia, and American Ornithologists’ Union, Washing-
ton, D.C.

Stephens, D. W., and J. R. Krebs. 1986. Foraging Theory. Prince-
ton University Press, Princeton, New Jersey.

Suryan, R. M., D. B. Irons, and J. Benson. 2000. Prey switching
and variable foraging strategies of Black-legged Kittiwakes and
the effect on reproductive success. Condor 102:374–384.

Systad, G. H., J. O. Bustnes, and K. E. Erikstad. 2000. Behav-
ioral responses to decreasing day length in wintering sea ducks.
Auk 117:33–40.

Tome, M. W. 1988. Optimal foraging: Food patch depletion by
Ruddy Ducks. Oecologia 76:27–36.

Vermeer, K. 1981. Food and populations of Surf Scoters in British
Columbia. Wildfowl 32:107–116.

Williams, J. G. 1980. Growth and survival in newly settled spat of
the Manila clam, Tapes japonica. Fishery Bulletin 77:891–900.

Ydenberg, R. C. 1988. Foraging by diving birds. Pages 1832–
1842 in Acta XIX Congressus Internationalis Ornithologici (H.
Ouellet, Ed.). National Museum of Natural Sciences, University
of Ottawa Press, Ottawa.

Zwarts, L., and J. H. Wanink. 1993. How the food supply
harvestable by waders in the Wadden Sea depends on the
variation in energy density, body weight, biomass, burying
depth and behaviour of tidal-flat invertebrates. Netherlands
Journal of Sea Research 31:441–476.
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